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ABSTRACT
Background: The hadal zone encompasses the deepest parts of the world’s ocean
trenches from depths of ∼6,000–11,000 m. The communities observed at these
depths are dominated by scavenging amphipods that rapidly intercept and consume
carrion as it falls to the deepest parts of the trenches. New samples collected in the
Tonga Trench provide an opportunity to compare the amphipod assemblages
and the population structure of a dominant species, Hirondellea dubia Dahl, 1959,
between trenches and with earlier data presented for the Tonga Trench, and other
trenches in the South Pacific.
Methods: Over 3,600 individual scavenging amphipods across 10 species were
collected in seven baited traps at two sites; in the Horizon Deep site, the deepest part
of the Tonga Trench (10,800 m) and a site directly up-slope at the trench edge
(6,250 m). The composition of the bait-attending amphipods is described and a
morphometric analysis of H. dubia examines the bathymetric distribution of
the different life stages encountered.
Results: The amphipod assemblage was more diverse than previously reported,
seven species were recorded for the first time from the Tonga Trench. The species
diversity was highest at the shallower depth, with H. dubia the only species captured
at the deepest site. At the same time, the abundance of amphipods collected at
10,800 m was around sevenfold higher than at the shallower site. H. dubia showed
clear ontogenetic vertical structuring, with juveniles dominant at the shallow site
and adults dominant at the deep site. The amphipods of the deeper site were
always larger at comparable life stage.
Discussion: The numbers of species encountered in the Tonga Trench is less
than reported from the New Hebrides and Kermadec trenches, and six species
encountered are shared across trenches. These findings support the
previous suggestion that the fauna of the New Hebrides, Tonga and Kermadec
Trenches may represent a single biogeographic province. The ontogenetic
shift in H. dubia between the two Tonga Trench sites supports the hypothesis of
interspecific competition at the shallower bathymetric range of the species, and the
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presence of competitive physiological advantages that allow the adults at the
trench axis to exploit the more labile organic material that reaches the bottom
of the trench.

Subjects Biodiversity, Biogeography, Ecology, Marine Biology, Population Biology
Keywords Amphipoda, Hadal, Assemblage composition, Deep sea, Lysianassoidea,
Ontogenetic stratification, Zonation

INTRODUCTION
The hadal zone extends from around 6,000 m depth to the deepest areas of the ocean
(terminology according to Jamieson, 2015) and includes some of the most remote and
unexplored environments on earth. Scavenging amphipods are a defining element
of hadal communities, with the earliest records of this fauna provided by Dahl (1959),
Wolff (1960), Hessler et al. (1978), and Ingram & Hessler (1983). Amphipods dominate
the scavenging community at carrion falls, particularly at the greater depths of a
trench, and are key prey items for predators of the hadal zone (Jamieson et al.,
2009a). They have been recovered by almost every baited trap set at hadal depths
(Hessler et al., 1978; Blankenship et al., 2006; Eustace et al., 2013; Lacey et al., 2016), and
are frequently recorded by baited cameras and deep trawls (Wolff, 1960; Jamieson,
Solan & Fujii, 2009b; Gallo et al., 2015). Jamieson (2015) states that the dominance of
scavenging amphipods ‘at full ocean depth cannot be understated’ and provides multiple
arguments why they might be particularly well-adapted to low-food environments.
These adaptations allow them to rapidly detect, intercept, and consume carrion, and
attend bait in very high abundance. In addition, amphipods can survive long periods of
starvation and supplement their diet between carrion fall events (Jamieson, 2015).
In the past, hadal amphipods were thought to rely solely on necrophagy for sustenance
(De Broyer, Nyssen & Dauby, 2004), however, it is likely that they also undertake
detritivory, carnivory, and cannibalism (Blankenship & Levin, 2007; Jamieson et al.,
2010). This dietary diversity allows different amphipod species, by partitioning food
sources, to co-exist at similar depths in the organic-matter limited trenches
(Blankenship et al., 2006).

Since hadal depths are notoriously difficult to sample, there has so far only been limited
opportunity to broadly compare the amphipod fauna across hadal regions. In the
South–West Pacific Ocean, Blankenship et al. (2006) and Blankenship & Levin (2007)
provided the first records for four amphipod species in the adjacent Tonga and Kermadec
trenches. More recently, collections by HADal Environment and Education Program
(HADEEP) have expanded sampling across trenches in the South–West and South–East
Pacific, to provide further insight into the amphipod fauna (Jamieson, Solan & Fujii,
2009b; Jamieson et al., 2011; Fujii et al., 2013; Lacey et al., 2016, 2017). Collectively, these
studies have allowed for both a detailed characterization of the amphipod community
structure of the Kermadec, New Hebrides and Peru-Chile trenches, and a comparison
with the nearby abyssal assemblages. Lacey et al. (2016) identified between seven
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(South Fiji Basin) and 21 (Kermadec Trench) species of amphipods across all depths and
confirmed a clear distinction between abyssal and hadal communities. Some species
appeared restricted to a single trench, yet the most dominant hadal species
were documented at both the Kermadec and New Hebrides trenches, with different
communities documented at the Peru-Chile Trench. As a result, Lacey et al. (2016)
suggested combining the current designation of two hadal biogeographic
provinces (Belyaev, 1989) into one province for hadal environments in the South
West Pacific Ocean.

Amphipod assemblages within trench environments appear to be vertically stratified
with species confined to a relatively narrow bathymetric range within each trench.
The vertical stratification of species has been related to physiological tolerances and
metabolic processes that are in part the result of temperature and pressure gradients
(Brown & Thatje, 2014, 2018; Smith, Brown & Thatje, 2015). Interestingly, the observed
depth partitioning between two dominant species, Hirondellea dubia Dahl, 1959 and
Bathycallisoma schellenbergi (Birstein & Vinogradov, 1958), in the Tonga, Kermadec, and
New Hebrides trenches varied between trenches, although an overall pattern of dominance
at the intermediate (B. schellenbergi) and deepest depths (H. dubia) remained
(Blankenship et al., 2006; Lacey et al., 2017). Thus, the vertical distribution of species
is not likely to be solely driven by pressure and temperature but is also a result of other
environmental factors and/or competition/predation.

The genus Hirondellea is found throughout the world’s ocean trenches, and often
dominates assemblages at the deepest depths of trenches (Hessler et al., 1978; Blankenship
et al., 2006; Eustace et al., 2013; Horton & Thurston, 2013; Kilgallen, 2014; Lacey et al.,
2017). The species H. dubia is distributed across trenches in the South West Pacific
Ocean, including the Kermadec, Tonga and New Hebrides trenches (Dahl, 1959;
Blankenship et al., 2006; Ritchie, Jamieson & Piertney, 2015; Lacey et al., 2016, 2017), and
has been found at abyssal depths near the Mariana Trench (Ritchie, Jamieson & Piertney,
2015). H. dubia dominates the deepest depths (>7,500–8,000 m) in the Kermadec and
Tonga trenches, and occurs at baited traps in high abundances where no other species have
been recorded to date (Blankenship et al., 2006; Lacey et al., 2017). Blankenship et al. (2006)
report up to 17,800 amphipods in a single trap deployed at just over 8,700 m in the
Tonga Trench, and for the first time reported an ontogenetic structuring of the population
with depth. This pattern was subsequently also shown forH. gigas in the Izu-Bonin Trench
(Eustace et al., 2013), and B. schellenbergi in the Kermadec and New Hebrides
trenches (Lacey et al., 2017).

The deployment of seven baited traps at two sites in the Tonga Trench during the
Japanese 2013 Quest for the Limit of Life (QUELLE) expedition provided an opportunity
to expand on previous reports of amphipod assemblages in the South West Pacific Ocean,
and compare the new findings in the context of the recently presented data from the
Kermadec and New Hebrides trenches (Lacey et al., 2016, 2017; Ritchie, Jamieson &
Piertney, 2017), as well as previous data on the vertical distribution of H. dubia from the
Tonga Trench (Blankenship et al., 2006).
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MATERIALS AND METHODS
Study sites and sample collection
The Tonga Trench is located in the South West Pacific Ocean, and comprises the northern
portion (from ∼15�S to ∼25�S) of the trench system that runs between Samoa and Tonga in the
north and New Zealand in the south (Wright et al., 2000). Its deepest point is 10,882 m,
a site known as the Horizon Deep, and it is separated from the neighboring Kermadec Trench
in the south by the Tonga Platform, a sill that rises to approximately 5.5 km in depth (Fig. 1A).

With permission from the Ministry of Foreign Affairs and Trade of the Government
of the Kingdom of Tonga, the Tonga Trench was visited in 2013 as part of the QUELLE
round-the-world expedition conducted by the Japan Agency for Marine-Earth Science
and Technology using the submersible Shinkai 6500 and its support vessel Yokosuka.
Samples of scavenging amphipods were collected using baited traps from two depths within
the trench: at approximately 10,800 m at the Horizon Deep, and directly up-slope at
approximately 6,250 m on the edge of the trench. These sites were approximately 60 km apart
(Figs. 1B and 1C). Baited traps (25� 25� 36 cmwith two six cm diameter openings and three
mm mesh) were deployed on benthic landers at the Horizon Deep site on four occasions,
and on three occasions by a submersible at the trench edge site. The bait (raw fish) was placed

Figure 1 Tonga Trench Study site in the Southwest Pacific Ocean. (A) The red square identifies the
study site where samples were collected. Bathymetry (B) and bathymetric profile (C) of the area studied
(Red dots indicate the two sampling sites, ∼10,800 m in the trench axis, and ∼6,250 m on the trench outer
slope. Figure adapted from Leduc et al. (2016) with permission (© Elsevier).

Full-size DOI: 10.7717/peerj.5994/fig-1
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in fine mesh bags (mesh size approx. two mm) attached to the inside wall of the trap. The
heights of traps from the seafloor varied between the sampling occasions (0, 1.5, and 1.8 m).
Details on location, specific depth, and deployment date and time are listed in Table 1.

Environmental data for the lander deployments was collected with a conductivity,
temperature and depth instrument (SBE49, Sea-Bird Electronics, Bellevue, WA, USA) and
a custom-built microprofiling system containing O2 microelectrodes. Sediment
characteristics were obtained from sediment cores and subsequently analysed for
sediment-bound chlorophyll a (Chl a), organic carbon content and phytopigments
(see Wenzhöfer et al., 2016 for details) (Table 2).

Sample processing
Amphipods sampled from each trap deployment were processed separately
(Table 1) and were initially fixed in 100% ethanol and later transferred to 70–80%

Table 1 Sample locations.

Site/Dive No. Depth (m) Latitude Longitude Date Gear Time at sea floor
hours:minutes

1 1370/1–5 6,255 23:36.7500:S 174:17.3444:W October 15, 2013 Trap deployed by submersible
and suction sampler; trap
height zero m.

3:00

2 1–1 6,256 23:36.6771:S 174:16.8787:W October 9, 2013 Sediment profile lander; two
traps at 1.8 m above seafloor

2:46

3 1–2 6,253 23:36.6344:S 174:16.8133:W October 10, 2013 Sediment profile lander; two
traps at 1.8 m above seafloor

11:16

4 2–1 10,817 23:16.4294:S 174:44.9826:W October 11, 2013 Camera-corer lander; two traps
at 1.5 m above seafloor and
one at zero m

15:16

5 2–2 10,807 23:16.5298:S 174:44.8380:W October 12, 2013 Sediment profile lander; two
traps at 1.8 m above seafloor

7:02

6 2–3 10,807 23:16.5085:S 174:45.1347:W October 13, 2013 Camera-corer lander; two traps
at 1.5 m above seafloor and
one at zero m

8:06

7 2–4 10,805 23:16.54365:S 174:45.2294:W October 14, 2013 Sediment profile lander; two
traps at 1.8 m above seafloor

9:43

Notes:
Sample details for scavenging amphipods, Site 1 corresponds to trench edge site, site 2 corresponds to Horizon Deep site. Time at sea floor indicate the hours and minutes
that each sample had to collect scavengers from the sea floor.

Table 2 Environmental characteristics.

Site Temperature
(�C)

O2 uptake
(μmol-2 d-1)

Chl a* (mg m-2) Phaeophytin*

(mg m-2)
Prokaryotic
abundance*

(cells cm-2)

210Pbex inventory*

(kBq m-2)

Abyssal
(6,250 m)

1.2 92 ± 44 (n = 16) 4.5 ± 0.3 (n = 2) 21 ± 3.7 (n = 2) 7.2 � 107 ± 0.13 � 107 9.5 ± 4.6

Hadal
(10,800 m)

2 225 ± 50 (n = 7) 29 ± 1.8 (n = 2) 125 ± 43.8 (n = 2) 12 � 107 ± 0.14 � 107 207.6 ± 3.6

Notes:
Benthic fluxes and depth-integrated sediment parameter from hadal and abyssal trench sites (Wenzhöfer et al., 2016).
* Depth-integrated values from retrieved sediment cores (0–15 cm).
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ethanol for species identification, counting, and measuring. A small number of
specimens were randomly removed from the most abundant samples (i.e. those
that were later subsampled, see below) for separate analysis not reported upon here.
Amphipods were identified to the lowest possible taxonomic level following
D’Udekem D’Acoz & Havermans (2015), Barnard & Ingram (1990), Dahl (1959), Ingram
& Hessler (1987), Barnard & Karaman (1991), Jamieson et al. (2013), Kilgallen (2014),
Kilgallen & Lowry (2015), Shulenberger & Barnard (1976), Birstein & Vinogradov
(1955, 1958) and Barnard & Shulenberger (1976) using a stereoscopic microscope
(LEICA MZ 12.5; Leica Camera AG, Germany) and a compound microscope
(Zeiss Axioskop 2plus; Carl Zeiss AG, Germany). The specimens are deposited at the
NIWA Invertebrate Collection in Wellington, New Zealand.

Hirondellea dubia individuals were counted, sexed, imaged, and analysed
morphometrically (see details below). After assessing the sample sizes and considering
time constraints, a random subset of 450 individuals was processed when the numbers of
individuals in a sample exceeded 450. In samples that contained fewer than 450
individuals, all the individuals were processed.

All morphometric analyses were conducted using the image analysis software ImageJ
1.49 (Abramoff, Magalhaes & Ram, 2004). Previously, the diameter of the 4th coxa has
been used as a proxy for total length (Blankenship et al., 2006; Lacey et al., 2017),
but, for example, Eustace et al. (2013) used the total body length for their comparisons of
H. gigas populations. Here, the 4th coxa was often damaged and difficult to photograph
and the total length was measured directly instead. The total length is measured
along the dorsal midline, from the tip of the rostrum to the anterior end of the telson,
separately recording lengths for the head, pereonite 1, pereonite 2–7, the pleosome,
and the urosome. Measurements were then combined to create a total length value.
Each measurement was conducted using the Segmented Line Tool in ImageJ. Typically,
this measurement composed of a single line from the start of the segment to the
end, however, for larger segments the line was broken up into a series of connected lines
(sensu Chapelle, 1995).

The curvature of the dorsal aspect varied among individuals and could not be corrected
in the preserved amphipods without causing damage. In order to capture any variation
in total length measurements caused by dorsal curvature, four categories ranging
from 1 to 4 were recorded. These categories were assigned to amphipods based on an angle
created by two lines from the tip of the rostrum to the anterior margin of the 5th pereonite
and to the base of the telson. Curvature angles of 200–160� (most straight), 160–120�,
120–90�, and <90� (most curved) were rated 1, 2, 3, and 4, respectively.

All the specimens were sexed and separated into seven life stage categories based on
criteria adapted from Hessler et al. (1978) (Table 3). The number associated with each life
stage represents the stage of development and is not representative of age and cannot be
compared across sexes (i.e. male 3 is the fully mature male, while female 3 is still
immature). Juveniles were classified when an individual was too small to be sexed or when
genitalia were indistinguishable.
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Statistical analyses
Analyses of morphometric and demography data were conducted using the IBM SPSS
statistics software (version 22.0, 2015; Armonk, NY, USA) and R (version 3.4.1; R Core
Team, 2017). Data were analysed for normality and homogeneity for the tests that require
these attributes. In most cases, assumptions of normality and homogeneity were met. In
some cases, normality was only approaching significance, however, after evaluating the
normal Q–Q plots these cases were considered acceptable for parametric analysis.

A Pearson’s Chi-square test of contingencies was used to evaluate sex composition
of the sample populations. Female and male life stages were each pooled into two groups,
and sexual composition (as a percentage of the total population) was then compared
between the samples from depths of 6,250 and 10,800 m. One-way between groups
ANOVA was used to assess the impact of body curvature and trap height on total length,
and both were included as a covariate in the subsequent analyses. Factorial between-groups
ANCOVA was used to analyse H. dubia size structure between life stages and between
sites at 6,250 m (trench edge) and 10,800 m (Horizon Deep) depths. A simple effects
analysis was then performed by running an ANOVA with split file groups based on life
stage. The ANOVA assessed how depth impacted the variability of total length for each life
stage. The significance of the results from this test were interpreted at p < 0.001 to
control for the inflation of family-wise error rates that occurs when conducting multiple
comparisons on the same set of data.

Non-parametric Kendall’s rank correlation was used to examine the effect of
deployment time on abundance and size of amphipods.

RESULTS
Species composition
The baited traps successfully captured more than 3,600 individual scavenging amphipods
at two depths in the Tonga Trench (the only non-amphipod organisms collected
were two mysids at the shallower site, and these are not here considered further). A total of
449 individual amphipods were captured at the trench edge (6,250 m) and 3,175 were
collected at the Horizon Deep site (10,800 m) (Table 4).

Table 3 Life stages of H dubia.

Sex/life stage Life stage
code

Description

Juvenile J No visible papillae or oöstegites

Male 2 M2 Penile papillae present, calceoli absent from antenna

Male 3 M3 Penile papillae present, calceoli present, slightly elongated
second antenna

Female 2 F2 Short oöstegites trace can be found on pereiopods 3–5

Female 3 F3 Small oöstegites protrude from pereiopods 3–5

Female 3a F3a Oöstegites protrude out over the abdomen

Female 4 F4 Large oöstegites possessing setae

Note:
Criteria for assigning life stage to H. dubia individuals (adapted from Hessler et al., 1978).
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Amphipod assemblage composition varied substantially between the two sampling sites.
A total of 10 amphipod species were sampled, but only H. dubia Dahl, 1959 was found
at both sites. All remaining species were restricted to the shallower site (Table 4).
Two species are possibly new to science: Hirondellea sp. (Hirondelleidae) and a Cyclocaris
cf. tahitensis Stebbing, 1888 (Cyclocaridae) and await formal description (R. Peart et al.,
2018, unpublished data). Four species of Alicellidae, Alicella gigantea Chevreux, 1899,
Paralicella cf. caperesca Shulenberger & Barnard, 1976, P. tenuipes Chevreux, 1908 and
P. cf. fusiformis (Birstein & Vinogradov, 1955), and the uristid species Abyssorchomene
distinctus (Birstein & Vinogradov, 1960), are reported for the first time from the
Tonga Trench (Table 4). The only species of Eurythenes (Eurytheneidae) encountered
among the samples was Eurythenes sigmiferus, recently described by D’Udekem D’Acoz &
Havermans (2015).

The trench edge site assemblage was dominated by E. sigmiferus with 137 individuals
(∼30%), and with progressively diminishing numbers of B. schellenbergi, P. cf. caperesca,
and H. dubia between 83 and 72 (18–16%) in the overall sample (Table 4, site 1).
However, 3,175 specimens of H. dubia were collected at the Horizon Deep site, a number
nearly sixfold higher than the total number of specimens collected at the trench edge site
(Table 4, site 2).

Selection of covariates
The size and abundance ofH. dubia varied significantly between trap heights (F2.1130 = 39.487,
p < 0.001 and F2.10 = 6.966, p < 0.018, respectively). Traps set at the sea floor captured
at least three times the number of, significantly larger, H. dubia specimens than
those set at 1.5 or 1.8 m from the seafloor. Based on these results, the effects of trap height
were included as a covariate in the factorial between-groups ANCOVA analysis.

Amphipods with higher curvature ratings had significantly higher total lengths
(F3.1173 = 46.563, p < 0.001). Therefore, the total body length was included for all animals

Table 4 Amphipod species composition of the Tonga Trench.

Family Species Regions (* new record for Tonga Trench) Stations Depth Count
(site 1)

Count
(site 2)

Alicellidae Alicella gigantea TT* KT NHT 2, 3 6,253–6,256 2

Paralicella tenuipes TT* KT NHT 2 6,256 13

Paralicella cf. caperesca TT* KT NHT 2 6,256 75

Paralicella cf. fusiformis TT* 2, 3 6,253–6,256 17

Cyclocaridae Cyclocaris sp. (cf tahitensis)* TT* KT? 2, 3 6,253–6,256 25

Eurytheneidae Eurythenes gryllus/sigmiferus TT KT? NHT? 1–3 6,253–6,256 137

Hirondelleidae Hirondellea dubia TT KT NHT 2–7 6,253–10,807 72 3,175

Hirondellea sp.* TT* 2 6,256 13

Scopelocheiridae Bathycallisoma schellenbergi TT KT NHT 2, 3 6,253–6,256 83

Uristidae Abyssorchomene distinctus TT* KT 2, 3 6,253–6,256 12

Notes:
Composition and abundance of bait-attending amphipods recovered from seven stations sampled across depths between 6,253 m (site 1) and 10,807 m (site 2) in the
Tonga Trench (TT). Known species records in the Kermadec Trench (KT) and New Hebrides Trench (NHT) are included (Lacey et al., 2016).
* Indicates potentially new species. Station numbers refer to Table 1.
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(see Materials and Methods above) with curvature as a covariate in the factorial
between-groups ANCOVA analysis of H. dubia size structure described below.

The effect of the deployment time (range ∼3–15 h, Table 1) was assessed for the
deep deployments only since the numbers of specimens collected at the shallow site were
insufficient. A non-parametric Kendall’s rank correlation provided mixed results.
For all amphipods, the correlation was insignificant (p = 0.21) with a weakly positive
relationship between deployment time and numbers of specimens (s = 0.029). When
considering the separate stages, some relationships were significant with positive
trends (p-values F2 and F3a, p < 0.001, M2, p = 0.004) and other stages were not significant
(F3, F4, and M3 p > 0.1). Therefore, there was a weak indication that amphipod size
increases for some stages as deployment times increase, but since the overall
relationship was not significant, deployment time was not included as a covariate in the
final analysis.

Ontogenetic structure and body size of H. dubia
Of the 3,247 H. dubia collected from both depths, 1,471 individuals were sexed, imaged,
and then morphometrically analysed. Of the analysed individuals, 72 were collected
from the 6,250 m, and 1,399 from 10,800 m depth. No brooding females or intersex
amphipods were captured (Table 5).

In 285 specimens, the thorax or abdomen was substantially ruptured or distorted or the
urosome was missing, hence, the total length could not be determined, and they were
excluded from the morphometric analysis. For the 1,186 specimens of H. dubiameasured,
the total length ranged from 4.8 mm for the smallest juvenile, to maximum total
lengths of 21.7 mm for males and 22.4 mm for females (Table 5; Fig. 2). The smallest
specimens were collected at the trench edge site (range of total length: 4.8–15.7 mm), and
the largest animals were collected at the trench axis (range of total length: 8.7–22.4 mm).
The difference in mean total lengths of H. dubia at 10,800 m depth (�x ¼ 15:26mm)
was statistically significant compared to that at 6,250 m (�x ¼ 6:98mm), (F1.1164 = 16.2,
p < 0.001) (Fig. 2). Mean total length also varied significantly among life stages,

Table 5 Number and length measurements of H. dubia for two sites in Tonga Trench.

Depth Length (mm) F4 F3a F3 F2 J M2 M3 Total (n)

6,250 m n 0 2 0 4 65 1 0 72

Min na 14.6 na 10.6 4.8 11.1 na

Mean 15.1 11.3 6.2

Max 15.7 12.2 7.8

10,800 m n 40 140 288 420 18 383 110 1,399

Min 15 12.1 11.7 8.7 9.1 9.2 11.7

Mean 18.3 17.2 16.1 13.8 10.1 14.3 16.5

Max 22 22.4 22.4 19 11.1 21.7 19.9

Total (n) 40 142 288 424 83 384 110 1,471

Note:
Number of individuals (n, in bold) and total body length (mm) ofH. dubia by sex and life stages across two depths ∼6,250
and ∼10,800 m.
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between 6.2 and 15.1 mm for the shallower site, and 10.1–18.3 mm for the deep site
(F6.1164 = 80.549, p < 0.001).

Juveniles made up 90% (65 individuals) of the population at 6,250 m compared to
1% (18 individuals) at 10,800 m (J in Table 5). At both depths, females were more abundant
than males. At the trench edge site, only six females and one male were sampled, and no fully
mature life stages (M3 and F4) were recorded, while at the Horizon Deep site, 63% of
the samples were females (888 individuals) and 36% were males (493 individual). Generally,
the smaller life stages (F2 females andM2males, and juveniles J) dominated at both depths, to
a combined 97% at the 6,250 m and 59% at the 10,800 m depth site. Conversely, only
two larger females (F3a) were collected at the shallower site compared to a combined 578
individuals, or 41%, of larger adults (F3–F4 andM3) at the deep site (Table 5). Overall, the sex
composition was significantly different between depths, (w22.200 = 1,018.7, p < 0.001), with 80%
of the variability in composition being described by depth (Cramer’s Ѵ = 0.82).

Figure 2 Hirondellea dubia frequency distribution plot. Frequency distribution plot of H. dubia size
structure for the two sampling depths, shallow (A, C, E) and deep (B, D, F), and across sexes, male (A, B),
female (C, D) and juvenile (E, F). Male (M2, M3) and Female (F2, F3, F3a, F4) life stages were grouped
into respective sexes. Full-size DOI: 10.7717/peerj.5994/fig-2
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There were significant differences in sizes between depths as shown in the
length-frequency distributions (Fig. 2). The difference in mean size between depths was
significantly greater in juveniles (J) and M2 than in the other life stages (F3.1164 = 2.968,
p = 0.03). This result was further examined by a simple effects analysis. The combination
of depth and life stage significantly influenced the between-depth difference between
some of the life stages; J (F1.1164 = 70.155, p < 0.01), and M2 (F1.1164 = 6.776, p < 0.01) were
significantly smaller at the 6,250 m site compared to the 10,800 m site, relative to differences
between depths seen in life stages F2 and F3a (Table 3; Fig. 3).

DISCUSSION
Tonga Trench amphipod assemblage
Little is known about the scavenging amphipod assemblage of the Tonga Trench. Data
presented for four species collected from three sites (10 stations) between 6,252 and
10,787 m by Blankenship et al. (2006) and Blankenship & Levin (2007) remain the only
previous records for the region. Here, we report on 10 species collected at two sites
(seven stations) and at a similar depth range of 6,253–10,807 m. The Horizon Deep site is
in very close proximity (∼ five km) to three stations sampled previously (F/V 2, 10, and 11)
and the trench edge site lies at the same depth and about 28 km north–east of F/V 4
(see Blankenship et al., 2006). We report seven species for the first time from the Tonga
Trench, two of which might be new to science (P. cf. fusiformis and Hirondellea sp.;
R. Peart et al., 2018, unpublished data). Previously reported were both B. schellenbergi
(Birstein & Vinogradov, 1958) and H. dubia Dahl, 1959 (Blankenship et al., 2006;
Blankenship & Levin, 2007). A third species, Eurythenes gryllus (Lichtenstein, 1822),

Figure 3 Profile plot of H. dubia size structure at two depths in the Tonga Trench. Hirondellea dubia
size structure for the two sampling depths and across life stages. The adjusted mean total length on the y
axis is an estimated value based on the influence of covariates. Covariates appearing in the graph are
evaluated at the following values: Curve rating (1–4) = 2.591, trap height (m) = 0.850. Means of life stages
absent from the 6,250 m site were n on-estimable and were not plotted. Error bars are standard error.

Full-size DOI: 10.7717/peerj.5994/fig-3
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was also reported previously by Blankenship et al. (2006). Until recently, E. gryllus was
considered a cosmopolitan species, however, D’Udekem D’Acoz & Havermans (2015)
identified nine distinct genetic lineages and described five new species and, subsequently,
Narahara-Nakano, Nakano & Tomikawa (2017) added another species from the Japanese
Seas and discussed the deep-sea species diversity of the Pacific Ocean. The new species include
E. sigmiferus that was also reported from the Kermadec Trench based on an image record
(N. Kilgallen, 2017, personal communication), and which is the only species of Eurythenes
encountered in this study. E. gryllus s.s. retains a broad bipolar distribution but with the
deepest record known at 3,803 m (D’Udekem D’Acoz &Havermans, 2015) previous reports of
E. gryllus from much deeper in the Tonga Trench are called into question. We consider
the records provided for E. gryllus in the South West Pacific trenches by Blankenship et al.
(2006) and Lacey et al. (2016) as doubtful and specimens need to be reexamined. Finally,
Blankenship et al. (2006) also report an Uristes sp. nov. at depths between those sampled here
(7,349–9,273 m). Subsequently, this species was resolved as belonging to a different family
and assigned to the genus Hirondellea by Ritchie, Jamieson & Piertney (2017) using DNA
sequencing. However, a member of the same family Uristidae, Abyssorchomene distinctus
(Birstein & Vinogradov, 1960), was collected, a first record for the Tonga Trench, but
previously recorded from the Kermadec Trench by Lacey et al. (2016).

Our data support previous findings that scavenging amphipod species diversity declines
from the top of the trench to the bottom, with only one species (H. dubia) being
present at the trench axis. Notably, the numbers of specimens collected varied, despite
deployment times being similar (∼10 h). For example, 137 specimens of E. sigmiferus
were collected in the present study, compared to 10 previously at a nearby site
(Blankenship et al., 2006); 73 specimens of H. dubia were collected at 6,250 m, and at
10,800 m 3,174 specimens were captured, while Blankenship et al. (2006) did not encounter
H. dubia shallower than a depth of 7,349 m and then report numbers of up to
17,800 specimens for a single station at 8,723 m and 884 specimens at the deepest of
their stations (around 10,780 m). Hence, we extend the depth range known for this species
in the Tonga Trench and observed greater abundances at the trench axis. However,
comparisons should only be considered qualitative as the trap configurations were
different. This remarkable depth range for H. dubia still falls within the known range
observed for this species in the Kermadec Trench, where it is encountered as shallow as
4,700 m outside of the trench to its axis at 9,908 m (Lacey et al., 2016).

Lacey et al. (2017) provide the relative catch proportions of B. schellenbergi andH. dubia
with depth for both the Tonga Trench and the Kermadec Trench, noting that H. dubia
is the only species found at the deepest depths of the trench, while the reverse
applies at intermediate depths in both trenches. Between ∼5,000 and 7,000 m in the
Tonga Trench and between ∼7,000 and 8,000 m in the Kermadec Trench, B. schellenbergi
dominates to the apparent exclusion of H. dubia (Lacey et al., 2017). Comparing the
relative catch proportions for the two species in this study indicate that there is an overlap
in the pattern observed by Lacey et al. (2017). At the trench axis our data agrees,
with H. dubia present (1.00) and B. schellenbergi absent (0.00), however, our records from
the 6,250 m site provide a different pattern with both amphipod species at low proportions
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(0.16 and 0.18 for H. dubia and B. schellenbergi, respectively). For the same depth,
Lacey et al. (2017) refer to data provided by Blankenship et al. (2006) which show a
dominant B. schellenbergi (0.72) and an absent H. dubia (0.00) instead. However, those
data included in the figure of Lacey et al. (2017) for that depth were generated from a total
of 32 amphipod specimens reported by Blankenship et al. (2006), 23 of which were
B. schellenbergi (or 0.72 of the sample), with the other nine specimens being E. gryllus
(or 0.28 of the sample). In our study, the Eurythenes species comprised a much
larger proportion (137 specimens or 0.31 of the sample) of the total assemblage.
In addition, seven other species were also recorded, and add to what we now know of the
Tonga Trench assemblage. It is clear that the composition and depth-distribution of the
amphipod assemblage is more complex than previously presented.

An interesting insight into the factors that might influence the distribution of the species
is presented by the comparison of amphipod catch in traps set at different heights
from the bottom. Blankenship et al. (2006) noted that two traps deployed in the Horizon
Deep at 2.0 m above the bottom, instead of the typical 1.0 m, did not recover any animals.
Our study recovered H. dubia in traps set at either 1.5 and 1.8 m above the sea floor,
but traps set directly on the sea floor captured at least three times the number of H. dubia
than those set above the seafloor, and the average amphipod size was significantly
larger at the zero m traps. One explanation for this pattern may be the partitioning of
foraging strategies, where larger (older) individuals outcompete smaller individuals
at carrion falls on the sea floor. Another hadal amphipod, E. gryllus, displays partitioned
vertical distribution, with individuals moving upward in the water column with increasing
body size, thereby transitioning to a more pelagic lifestyle (Ingram & Hessler, 1987;
Christiansen, Pfannkuche & Thiel, 1990; Jamieson et al., 2011). The mechanisms that
attract high numbers of amphipods to bait appear to be highly specific and still very much
unknown, as amphipods may swarm around particular pieces of bait while almost ignoring
adjacent bait (Hessler et al., 1978). Previous samplings have been taken at a single
trap height off the sea floor, or combined data across a variety of trap heights to represent a
single sample (Ingram & Hessler, 1987; Fujii et al., 2013), and may have overlooked
the influence of trap height. Future studies would benefit from analyzing how
these attraction mechanisms contribute to the stratification of amphipod sizes in
differing trap heights.

Intertrench comparison of amphipod assemblages
Expanding on previous HADEEP project data published by Jamieson et al. (2011)
and Fujii et al. (2013), Lacey et al. (2016) present a combined analysis of the bait-attending
amphipod fauna from 21 bathyal to hadal sampling stations (1,488–9,908 m) from the
Kermadec, Peru-Chile, and New Hebrides trench areas.

Close faunistic links with the Tonga Trench and other South West Pacific trenches
are apparent; three species already recorded by Blankenship et al. (2006) and
Blankenship & Levin (2007), and three of the seven species newly reported here for the
Tonga Trench are shared with both the Kermadec and the New Hebrides trenches
(Lacey et al., 2016). However, the full extent of this assessment is pending confirmation
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that all the material previously reported as E. gryllus belongs to E. sigmiferus and
whether specimens identified as P. cf. caperesca are the same as the species referred to as
P. caperesca in Lacey et al. (2016). In addition, both P. caperesca and P. tenuipes await a
formal review following the detailed phylogeographic analysis by Ritchie, Jamieson &
Piertney (2017). The uristid Abyssorchomene distinctus found in the Tonga Trench is
also present in the Kermadec Trench (and the Peru-Chile Trench and South Fiji Basin)
but so far unrecorded in the New Hebrides Trench (Lacey et al., 2016). And the specimens
identified as Cyclocaris cf. tahitensis are sufficiently different that they are likely a
new species which need to be compared with the C. tahitensis specimens collected from the
Kermadec Trench. P. fusiformis is so far known from the northern Pacific and a similar
species is reported here, although the specimens are sufficiently different that it is
likely a new species, not recorded in any other SouthWest Pacific trench. The same applies
for Hirondellea sp. which does not appear to match any of the species described to date.
The distribution of the Hirondellea species complex has so far been used to highlight
regional hadal trench endemism, with H. dubia supposedly restricted to the South
West Pacific trenches, H. gigas to the North West Pacific trenches, and three other species
of Hirondellea restricted to the trenches of the South East Pacific Ocean (Kilgallen, 2014;
Jamieson, 2015; Ritchie, Jamieson & Piertney, 2017).

Notably, species that are absent in the samples examined here from the Tonga Trench,
but that have been reported in the region at comparable depths, might be expected to
be collected here in the future. These are two species of each of the genera Orchomenella,
Paracallisoma¸ Tryphosella, and Valettietta as well as two other species of Abyssorchomene
that were collected at similar depth in the Kermadec Trench (Lacey et al., 2016).
Adding these species would provide further evidence for a close similarity between the
amphipod fauna of the Kermadec and Tonga trenches, as would be expected from
their close proximity. However, the possibility of some differences in the amphipod
assemblage between these two trenches was indicated by possibly two new species, and
more detailed taxonomic work is required. Lacey et al. (2016) report possibly 17
undescribed species which await further study. Combining material across studies, ideally
with the addition of molecular tools, will provide better insight into the regional trench
faunas. A taxonomic review of these species, including DNA sequence analysis is
underway and will be presented elsewhere (R. Peart et al., 2018, unpublished data).

Current biogeographic designations of hadal provinces separate the Bougainville–New
Hebrides trenches from the Tonga–Kermadec trenches (Belyaev, 1989, and presented
by Watling et al., 2013 as HD4 and HD5, respectively). However, Lacey et al. (2016)
suggest that these hadal provinces be combined based on their shared amphipod
communities which appear to be independent of the differences in overlying productivity
regime and flux of POC to the seafloor. Our data support the contention of a single
South West Pacific hadal province as proposed by Lacey et al. (2016) for the New Hebrides
and Kermadec trenches, to now also include the Tonga Trench, due to the combined
dominance of H. dubia and B. schellenbergi in all three trenches. Most of the species
encountered at the trench edge site appear to be shared across these trenches. Our sites
were located in the southern part of the Tonga Trench, between 250 and 290 km north
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of the Tonga sill that separates the Tonga and Kermadec trenches, however, despite this
geographic proximity, the amphipod assemblage of the Tonga Trench shared a similar
species richness with both the Kermadec and the New Hebrides Trench. Considering
the north–south gradient of POC flux along the axis of the Tonga–Kermadec trenches,
one alternative expectation might have been that amphipod assemblage composition of
the Tonga Trench would reflect the similarity between the more oligotrophic Tonga
Trench and the New Hebrides Trench, and be less like the mesotrophic Kermadec
Trench to the south (at least toward its southern extent). However, this was not the case,
and thus our data do not support a division of the hadal provinces into a separate
Bougainville–New Hebrides province (HD4) and Tonga–Kermadec province (HD5)
as originally proposed by Belyaev (1989) and repeated by Watling et al. (2013).

Ontogenetic structure of Hirondellea dubia
The body size of the specimens was generally similar to that reported by Blankenship et al.
(2006), although measurements were derived slightly differently (they used a proxy to
determine total body length). The largest adult males (21.7 mm) and females (22.4 mm)
measured here were slightly larger than previously reported (18.6 and 20.9 mm,
respectively), and the smallest juvenile was larger at 4.8 mm compared to 2.8 mm
previously reported.

The sex ratio of adult H. dubia in the present study showed a bias toward females.
However, the observation at 6,250 m, where sex-indeterminate juveniles dominated,
is based on a relatively small sample size, and deriving any significance from this ratio
is probably unwise. However, the biased sex ratio determined from the population at the
deepest depth in the Tonga Trench is based on a large sample size and can be considered
for comparison with previous findings. In Blankenship et al. (2006) study in the Tonga
Trench, H. dubiamale-to-female sex ratios were 1:1 at a shallower depth of 7,000, while at
9,000–10,000 m, the proportion of females increased. However, beyond 10,000 m, the
ratio of males to females return to 1:1 (Blankenship et al., 2006). The present study
indicates that trend of an increasing proportion of females continues to the deepest extent
of H. dubia’s known range (with a proportion of 0.64:0.36 for females and males,
respectively, at 10,800 m). The change in sex ratio between the depths of 9,000 and 10,000
m observed by Blankenship et al. (2006) needs to be further examined, although it is likely
that the change in ratio is associated with reproduction (Thurston, Petrillo & Della Croce,
2002; Ingram & Hessler, 1987).

While specimens examined in the present study come only from two sites at either
extreme of the expected vertical distribution range of H. dubia in the Tonga Trench,
the data analyses support previous findings of an ontogenetic shift with depth in the Tonga
Trench. The abundance of H. dubia was much higher at the deepest site in the trench,
where more advanced life stages dominated, compared to the shallower trench edge,
where juveniles dominated the population. This difference is particularly apparent when
considering late life stages where no fully mature life stages (M3, F4) were found at the
shallower (6,250 m) depth. The proportion of younger life stages (F2, J, M2) was
higher compared to older life stages (F3, F3a, F4, M3) at both depths, but the relative
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proportion of these was much smaller at the shallow site compared to the deep site.
Additionally, where it was possible to compare, the size of animals of each life stage
was larger at the deep trench axis site compared to the trench edge site, which was most
pronounced in the juveniles. While the size range for the small number of subadults
overlapped between depths, the largest juvenile at the 6,250 m site was smaller than the
smallest juvenile at the 10,800 m site which indicates an ontogenetic shift between depths.

Ontogenetic stratification of trench amphipods has been previously observed in
H. dubia (Blankenship et al., 2006), H. gigas (Eustace et al., 2013) and B. schellenbergi
(Lacey et al., 2017), and various possible drivers have been proposed for these observations.
Eustace et al. (2013) concluded that pressure alone cannot drive these observed trends
but suggest an interaction of pressure and topography-influenced distribution of resources
in terms of both quality and quantity. Lacey et al. (2017) argue that the distribution
of juveniles does not relate directly to the distribution of food in a typical trench
environment which funnels organic matter downslope toward the trench axis
(citing Glud et al., 2013 and Ichino et al., 2015, also seeWenzhöfer et al., 2016) but instead
conclude that the vertical distribution is driven by physiological and ecological factors.
The former is clearly related to pressure where the biochemical processes at extreme
depths result in low levels of enzyme activity which present metabolic limitations
(Somero & Siebenaller, 1979; Somero, 1992; Siebenaller, 2010; Brown & Thatje, 2018).
Therefore, juveniles may prefer shallower depths because it allows them to ingest and
assimilate food more rapidly (Blankenship et al., 2006; Eustace et al., 2013). Whether this
choice infers a reduced or increased predation pressure is contentious. Blankenship et al.
(2006) argue that the upper depth limit of these amphipods reaches into the lower
distribution limits of larger predators like fish or predatory decapods and that of other,
larger, amphipods (also see Jamieson et al., 2009a, 2011; Jamieson, Solan & Fujii,
2009b). Lacey et al. (2017) suggest competitive interactions between H. dubia and
B. schellenbergi at the upper depth limits of the trenches. However, they also suggest that the
available space is larger at shallower depth compared to the axis of a trench. In addition,
the total number of animals encountered on bait is much higher at the bottom of the
trenches and raises the level of possible intraspecific competition and predation.
We encountered about seven times as many amphipods in the traps in the Horizon Deep
compared with the trench edge site, while Blankenship et al. (2006) captured >25 times
as many animals in one trap at their deepest hadal site (800 animals) compared to a
station very near our trench edge site (31 animals). And these numbers pale in comparison to
numbers of animals caught in a single trap (17,800) at 8,723 m (Blankenship et al., 2006).
Reduced intraspecific competition combined with the physiological advantages of a
shallower depth appear to define the best strategy for survival in smaller amphipods, and the
higher proportion of juveniles at the shallowest trench depth in the Tonga Trench
appears to support this strategy. The mechanism by which juveniles are distributed to the
shallower depths of their range is still uncertain (Blankenship et al., 2006; Lacey et al., 2017).
Since amphipods are brooders, eggs are not passively dispersed, and it is still uncertain
whether females or the juveniles actively migrate upward. As ovigerous females of a range of
lysianassoid amphipods do not appear in baited traps, nothing is known about their vertical

Wilson et al. (2018), PeerJ, DOI 10.7717/peerj.5994 16/22

http://dx.doi.org/10.7717/peerj.5994
https://peerj.com/


movement (Eustace et al., 2013; Kraft et al., 2013; Horton & Thurston, 2013; Lacey et al.,
2017). But since food for scavenging amphipods is more plentiful at the trench axis
(direct sediment measurements for both sites clearly indicate higher levels of organic activity
and deposition rates for the trench axis compared to the edge, see Table 2) and considering
the dominance of adults (and the presence of larger juveniles) of H. dubia at the axis,
the most parsimonious explanation is that the animals migrate downslope with age.
This migration would allow them to exploit the increased resource once they have grown
large enough to effectively compete for food/avoid predation, as has also been inferred
for H. gigas (Eustace et al., 2013) and B. schellenbergi (Lacey et al., 2017). With age, the
animals might be able to overcome otherwise adverse physiological limitations imposed by
higher pressure on younger developmental stages (sensu Smith, Brown & Thatje, 2015).

CONCLUSIONS
Our study has expanded knowledge of the scavenging amphipod fauna of the Tonga
Trench to 10 species, although some taxonomic and comparative work across the South
West Pacific trenches is needed to solve species identities and describe up to 20 new species
across all previous studies.

The ontogenetic vertical structuring of H. dubia in the Tonga Trench is confirmed by
new data from the present study, and this distribution is likely driven by the distribution
of food sources throughout the trench. There are strong incentives for juveniles
to be distributed at shallower depths despite the presence of competing scavengers.
The discovery that juveniles at the 6,250 m depth site were substantially smaller than at
10,800 m depth site supports the theory that juveniles migrate down the trench slope
with increasing age. It seems likely that juveniles are distributed at shallower depths by
brooding females, but there is still uncertainty around this speculation because no
brooding females have yet been captured. Intense intraspecific competition for food is
likely, and the results of the trap height analysis may demonstrate intraspecific exclusion,
however, more research is needed in this area.

ACKNOWLEDGEMENTS
Thanks are owed to the whole voyage team of YK13-10 for making sample collection
possible. Thanks to the staff at the NIWA Invertebrate Collection for providing laboratory
space, access to and the curation of specimens, for Daniel Leduc (NIWA) for providing
images for Fig. 1 and to Carolann Schack (NIWA/VUW) for statistical advice.
Many thanks to Kristine White (University of Tampa, USA) and an anonymous reviewer
for constructive comments on the draft manuscript and Academic Editor James Reimer
for supporting this publication.

ADDITIONAL INFORMATION AND DECLARATIONS

Funding
This work was supported by Victoria University Wellington grant 80837 to Ken G. Ryan,
and NIWA’s research projects “Impact of resource use on vulnerable deep-sea

Wilson et al. (2018), PeerJ, DOI 10.7717/peerj.5994 17/22

http://dx.doi.org/10.7717/peerj.5994
https://peerj.com/


communities”, funded by the New Zealand Ministry for Business, Innovation and
Employment (CO1X0906), and “Coasts and Oceans Research Programme 2
Marine Biological Resources: Discovery and definition of the marine biota of New Zealand
(2015/2016 SCI)”. The funders had no role in study design, data collection and analysis,
decision to publish, or preparation of the manuscript.

Grant Disclosures
The following grant information was disclosed by the authors:
Victoria University Wellington: 80837.
New Zealand Ministry for Business, Innovation and Employment: CO1X0906.
Coasts and Oceans Research Programme 2 Marine Biological Resources: Discovery and
definition of the marine biota of New Zealand: 2015/2016 SCI.

Competing Interests
Kareen E. Schnabel and Rachael A. Peart are employed by National Institute of Water &
Atmospheric Research Ltd., Ken G. Ryan is employed by the Victoria University of
Wellington (VUW), Ashley A. Rowden is employed by both the above. Hiroshi Kitazato is
employed by the Japan Agency for Marine-Earth Science and Technology (JAMSTEC).
James P.A. Wilson was a student at the VUW and is currently employed at the
New Zealand Ministry for Business, Innovation & Employment. The authors declare
that they have no competing interests.

Author Contributions
� James P.A. Wilson conceived and designed the experiments, performed the experiments,
analyzed the data, prepared figures and/or tables, authored or reviewed drafts of the
paper, approved the final draft.

� Kareen E. Schnabel conceived and designed the experiments, performed the
experiments, analyzed the data, contributed reagents/materials/analysis tools, prepared
figures and/or tables, authored or reviewed drafts of the paper, approved the final draft.

� Ashley A. Rowden conceived and designed the experiments, contributed
reagents/materials/analysis tools, collected the specimens, authored or reviewed drafts of
the paper, approved the final draft.

� Rachael A. Peart provided taxonomic identifications, authored or reviewed drafts of the
paper, approved the final draft.

� Hiroshi Kitazato contributed reagents/materials/analysis tools, approved the final draft,
provided funding for the research voyage.

� Ken G. Ryan conceived and designed the experiments, analyzed the data, contributed
reagents/materials/analysis tools, authored or reviewed drafts of the paper, approved the
final draft.

Field Study Permissions
The following information was supplied relating to field study approvals (i.e., approving
body and any reference numbers):

Wilson et al. (2018), PeerJ, DOI 10.7717/peerj.5994 18/22

http://dx.doi.org/10.7717/peerj.5994
https://peerj.com/


Ministry of Foreign Affairs and Trade of the Government of Tonga, Nuku’alofa,
2 October 2013 (reference letter F.7/2/3).

Data Availability
The following information was supplied regarding data availability:

All the specimen records and the physical specimens are deposited at the NIWA
Invertebrate Collection and its database in Wellington, New Zealand.

The accession numbers of the amphipods are: 89965, 92761, 92762, 92763, 92764,
92765, 92766, 92767, 92768, 92769, 92770, 92771, 92772, 92773, 92774, 92775, 92776,
92777, 92778, 92779, 92780, 92796, 96621, 117111, 117115, 117116, 117117, 117118,
117119, 117120.

Supplemental Information
Supplemental information for this article can be found online at http://dx.doi.org/10.7717/
peerj.5994#supplemental-information.

REFERENCES
Abramoff MD, Magalhaes PJ, Ram SJ. 2004. Image Processing with ImageJ. Biophotonics

International 11(7):36–42.

Barnard JL, Ingram C. 1990. Lysianassoid Amphipoda (Crustacea) from the deep-sea thermal
vents. Smithsonian Contributions to Zoology 499:1–80 DOI 10.5479/si.00810282.499.

Barnard JL, Karaman GS. 1991. The families and genera of marine gammaridean Amphipoda
(except marine gammaroids). Part 1. Records of the Australian Museum, Supplement
13(1):1–417 DOI 10.3853/j.0812-7387.13.1991.91.

Barnard JL, Shulenberger E. 1976. Clarification of the abyssal amphipod, Paralicella tenuipes
Chevreux. Crustaceana 31(3):267–274 DOI 10.1163/156854076x00053.

Belyaev GM. 1989. Deep sea ocean trenches and their fauna. Moscow: Nauka.

Birstein YA, Vinogradov ME. 1955. Pelagicheskie gammaridy (Amphipoda, Gammaridea)
Kurilo-Kamchatskoi Vpadiny [Pelagic gammarids (Amphipoda, Gammaridea) at the
Kurilo-Kamtchatka Trench]. Trudy Instituta Okeanologii Akademija Nauk S.S.S.R 12:210–287.

Birstein YA, Vinogradov ME. 1958. Pelagicheskie gammaridy (Amphipoda, Gammaridea)
severo-zapadnoi chasti Tikhogo Okeana. [Pelagic Gammaridea from the northwestern
Pacific Ocean]. Trudy Instituta Okeanologii Akademija Nauk S.S.S.R 27:219–257.

Birstein YA, Vinogradov ME. 1960. Pelagischeskie gammaridy tropischeskoi chasti Ticogo
Okeana. [Pelagic Gammaridea of the tropical part of the Pacific Ocean]. Trudy Instituta
Okeanologii Akademija Nauk S.S.S.R 34:165–241.

Blankenship LE, Yayanos AA, Cadien DB, Levin LA. 2006. Vertical zonation patterns of
scavenging amphipods from the hadal zone of the Tonga and Kermadec Trenches. Deep Sea
Research Part I: Oceanographic Research Papers 53(1):48–61 DOI 10.1016/j.dsr.2005.09.006.

Blankenship LE, Levin LA. 2007. Extreme food webs: foraging strategies and diets of scavenging
amphipods from the ocean’s deepest 5 kilometers. Limnology and Oceanography
52(4):1685–1697 DOI 10.4319/lo.2007.52.4.1685.

Brown A, Thatje S. 2014. Explaining bathymetric diversity patterns in marine benthic
invertebrates and demersal fishes: physiological contributions to adaptation of life at depth.
Biological Reviews 89(2):406–426 DOI 10.1111/brv.12061.

Wilson et al. (2018), PeerJ, DOI 10.7717/peerj.5994 19/22

http://dx.doi.org/10.7717/peerj.5994#supplemental-information
http://dx.doi.org/10.7717/peerj.5994#supplemental-information
http://dx.doi.org/10.5479/si.00810282.499
http://dx.doi.org/10.3853/j.0812-7387.13.1991.91
http://dx.doi.org/10.1163/156854076x00053
http://dx.doi.org/10.1016/j.dsr.2005.09.006
http://dx.doi.org/10.4319/lo.2007.52.4.1685
http://dx.doi.org/10.1111/brv.12061
http://dx.doi.org/10.7717/peerj.5994
https://peerj.com/


Brown A, Thatje S. 2018. NMDA receptor regulation is involved in the limitation of physiological
tolerance to both low temperature and high hydrostatic pressure. Frontiers in Marine Science
5(93):1–4.

Chapelle G. 1995. Estimating size of amphipods in life cycle studies: what to measure and what for?
Polskie Archiwum Hydrobiologii 42(4):295–302.

Chevreux E. 1908. Diagnoses d’amphipodes nouveaux provenant des campagnes de la Princesse-
Alice dans l’Atlantique nord. Bulletin de l’Institut Océanographique, Monaco 117:1–13.

Christiansen B, Pfannkuche O, Thiel H. 1990. Vertical distribution and population structure of
the necrophagous amphipod Eurythenes gryllus in the West European Basin. Marine Ecology
Progress Series 66(1–2):35–45 DOI 10.3354/meps066035.

Dahl E. 1959. From depths exceeding 6000 meters. Galathea Report: Scientific Results of the Danish
Deep-Sea Expedition Round the World 1950–1952 1:211.

De Broyer C, Nyssen F, Dauby P. 2004. The crustacean scavenger guild in Antarctic shelf, bathyal
and abyssal communities. Deep Sea Research Part II: Topical Studies in Oceanography
51(14–16):1733–1752 DOI 10.1016/j.dsr2.2004.06.032.

D’Udekem D’Acoz C, Havermans C. 2015. Contribution to the systematics of the genus
Eurythenes S.I. Smith in Scudder, 1882 (Crustacea: Amphipoda: Lysianassoidea: Eurytheneidae).
Zootaxa 3971(1):1–80 DOI 10.11646/zootaxa.3971.1.1.

Eustace RM, Kilgallen NM, Lacey NC, Jamieson AJ. 2013. Population structure of the hadal
amphipod Hirondellea gigas (Amphipoda: Lysianassoidea) from the Izu-Bonin Trench.
Journal of Crustacean Biology 33(6):793–801 DOI 10.1163/1937240x-00002193.

Fujii T, Kilgallen NM, Rowden AA, Jamieson AJ. 2013. Deep-sea amphipod community
structure across abyssal to hadal depths in the Peru-Chile and Kermadec trenches.
Marine Ecology-Progress Series 492:125–138 DOI 10.3354/meps10489.

Gallo ND, Cameron J, Hardy K, Fryer P, Bartlett DH, Levin LA. 2015. Submersible-and
lander-observed community patterns in the Mariana and New Britain trenches: influence of
productivity and depth on epibenthic and scavenging communities. Deep Sea Research
Part I: Oceanographic Research Papers 99:119–133 DOI 10.1016/j.dsr.2014.12.012.

Glud RN, Wenzhöfer F, Middelboe M, Oguri K, Turnewitsch R, Canfield DE, Kitazato H. 2013.
High rates of microbial carbon turnover in sediments in the deepest oceanic trench on Earth.
Nature Geoscience 6(4):284–288 DOI 10.1038/ngeo1773.

Hessler RR, Ingram CL, Yayanos AA, Burnett BR. 1978. Scavenging amphipods from the
floor of the Philippine Trench. Deep Sea Research 25(11):1029–1047
DOI 10.1016/0146-6291(78)90585-4.

Horton T, Thurston M. 2013. Hirondellea namarensis (Crustacea: Amphipoda: Lysianassoidea:
Hirondelleidae), a new deep-water scavenger species from the Mid-Atlantic Ridge.
Marine Biology Research 9(5–6):554–562 DOI 10.1080/17451000.2012.749994.

Ichino MC, Clark MR, Drazen JC, Jamieson A, Jones DOB, Martin AP, Rowden AA,
Shank TM, Yancey PH, Ruhl HA. 2015. The distribution of benthic biomass in hadal trenches:
a modelling approach to investigate the effect of vertical and lateral organic matter transport to
the seafloor. Deep Sea Research Part I Oceanographic Research Papers 100:21–33
DOI 10.1016/j.dsr.2015.01.010.

Ingram CL, Hessler RR. 1983. Distribution and behaviour of scavenging amphipods from the
central North Pacific. Deep Sea Research Part A. Oceanographic Research Papers 30(7):683–706.

Ingram CL, Hessler RR. 1987. Population biology of the deep-sea amphipod Eurythenes
gryllus: inferences from instar analyses. Deep Sea Research Part A. Oceanographic Research
Papers 34(12):1889–1910 DOI 10.1016/0198-0149(87)90090-2.

Wilson et al. (2018), PeerJ, DOI 10.7717/peerj.5994 20/22

http://dx.doi.org/10.3354/meps066035
http://dx.doi.org/10.1016/j.dsr2.2004.06.032
http://dx.doi.org/10.11646/zootaxa.3971.1.1
http://dx.doi.org/10.1163/1937240x-00002193
http://dx.doi.org/10.3354/meps10489
http://dx.doi.org/10.1016/j.dsr.2014.12.012
http://dx.doi.org/10.1038/ngeo1773
http://dx.doi.org/10.1016/0146-6291(78)90585-4
http://dx.doi.org/10.1080/17451000.2012.749994
http://dx.doi.org/10.1016/j.dsr.2015.01.010
http://dx.doi.org/10.1016/0198-0149(87)90090-2
http://dx.doi.org/10.7717/peerj.5994
https://peerj.com/


Jamieson AJ, Fujii T, Solan M, Matsumoto AK, Bagley PM, Priede IG. 2009a. First findings of
decapod Crustacea in the hadal zone. Deep Sea Research Part I: Oceanographic Research Papers
56(4):641–647 DOI 10.1016/j.dsr.2008.11.003.

Jamieson AJ, Solan M, Fujii T. 2009b. Imaging deep-sea life beyond the abyssal zone.
Sea Technology 50(3):41.

Jamieson AJ, Fujii T, Mayor DJ, Solan M, Priede IG. 2010. Hadal trenches: the ecology of the
deepest places on Earth. Trends in Ecology & Evolution 25(3):190–197
DOI 10.1016/j.tree.2009.09.009.

Jamieson AJ, Kilgallen NM, Rowden AA, Fujii T, Horton T, Lörz A-N, Kitazawa K, Priede IG.
2011. Bait-attending fauna of the Kermadec Trench, SW Pacific Ocean: evidence for an ecotone
across the abyssal–hadal transition zone. Deep Sea Research Part I: Oceanographic Research
Papers 58(1):49–62 DOI 10.1016/j.dsr.2010.11.003.

Jamieson AJ, Lacey NC, Lörz A-N, Rowden AA, Piertney SB. 2013. The supergiant amphipod
Alicella gigantea (Crustacea: Alicellidae) from hadal depths in the Kermadec Trench, SW
Pacific Ocean. Deep-Sea Research Part II: Topical Studies in Oceanography 92:107–113
DOI 10.1016/j.dsr2.2012.12.002.

Jamieson A. 2015. The hadal zone: life in the deepest oceans. Cambridge: Cambridge University Press.

Kilgallen N. 2014. Three new species of Hirondellea (Crustacea, Amphipoda, Hirondelleidae)
from hadal depths of the Peru-Chile trench. Marine Biology Research 11(1):34–48
DOI 10.1080/17451000.2014.889309.

Kilgallen NM, Lowry JK. 2015.A review of the scopelocheirid amphipods (Crustacea, Amphipoda,
Lysianassoidea), with the description of new taxa from Australian waters. Zoosystematics and
Evolution 91(1):1–43 DOI 10.3897/zse.91.8440.

Kraft A, Bauerfeind E, Nöthig E-M, Klages M, Beszczynska-Möller A, Bathmann UV. 2013.
Amphipods in sediment traps of the eastern Fram Strait with focus on the life-history of the
lysianassoid Cyclocaris guilelmi. Deep Sea Research Part I: Oceanographic Research Papers
73:62–72 DOI 10.1016/j.dsr.2012.11.012.

Lacey NC, Rowden AA, Clark MR, Kilgallen NM, Mayor DJ, Linley TD, Jamieson AJ. 2016.
Community structure and diversity of scavenging amphipods from bathyal to hadal depths
in three South Pacific trenches. Deep Sea Research Part I: Oceanographic Research Papers
111:121–137 DOI 10.1016/j.dsr.2016.02.014.

Lacey NC, Mayor DJ, Linley TD, Jamieson AJ. 2017. Population structure of the hadal amphipod
Bathycallisoma (Scopelocheirus) schellenbergi in the Kermadec Trench and New Hebrides
Trench, SW Pacific. Deep Sea Research Part II: Topical Studies in Oceanography 155:50–60
DOI 10.1016/j.dsr2.2017.05.001.

Leduc D, Rowden AA, Glud RN, Wenzhöfer F, Kitazato H, Clark MR. 2016. Comparison
between infaunal communities of the deep floor and edge of the Tonga Trench: possible effects
of differences in organic matter supply. Deep Sea Research Part I: Oceanographic Research Papers
116:264–275 DOI 10.1016/j.dsr.2015.11.003.

Lichtenstein H. 1822. Observationes in historiam naturalem et anatomiam comparatam in itinere
Groenlandico factae. In: Mandt MW, ed. inauguralis quam consensu et auctoritate gratiosi
micorum ordinis in universitate literaria berolinensi ut summi in medicina et chirurgia honores
rite. Berlin: Formis Brueschckiansis, 40.

Narahara-Nakano Y, Nakano T, Tomikawa K. 2017. Deep-sea amphipod genus Eurythenes
from Japan, with a description of a new Eurythenes species from off Hokkaido (Crustacea:
Amphipoda: Lysianassoidea). Marine Biodiversity 48(1):603–620
DOI 10.1007/s12526-017-0758-4.

Wilson et al. (2018), PeerJ, DOI 10.7717/peerj.5994 21/22

http://dx.doi.org/10.1016/j.dsr.2008.11.003
http://dx.doi.org/10.1016/j.tree.2009.09.009
http://dx.doi.org/10.1016/j.dsr.2010.11.003
http://dx.doi.org/10.1016/j.dsr2.2012.12.002
http://dx.doi.org/10.1080/17451000.2014.889309
http://dx.doi.org/10.3897/zse.91.8440
http://dx.doi.org/10.1016/j.dsr.2012.11.012
http://dx.doi.org/10.1016/j.dsr.2016.02.014
http://dx.doi.org/10.1016/j.dsr2.2017.05.001
http://dx.doi.org/10.1016/j.dsr.2015.11.003
http://dx.doi.org/10.1007/s12526-017-0758-4
http://dx.doi.org/10.7717/peerj.5994
https://peerj.com/


R Core Team. 2017. R: A language and environment for statistical computing. Version 3.4.1. Vienna:
R Foundation for Statistical Computing. Available at https://www.R-project.org/.

Ritchie H, Jamieson AJ, Piertney SB. 2015. Phylogenetic relationships among hadal amphipods of
the Superfamily Lysianassoidea: implications for taxonomy and biogeography. Deep Sea
Research Part I: Oceanographic Research Papers 105:119–131 DOI 10.1016/j.dsr.2015.08.014.

Ritchie H, Jamieson AJ, Piertney SB. 2017. Population genetic structure of two congeneric
deep-sea amphipod species from geographically isolated hadal trenches in the
Pacific Ocean. Deep Sea Research Part I: Oceanographic Research Papers 119:50–57
DOI 10.1016/j.dsr.2016.11.006.

Shulenberger E, Barnard JL. 1976. Clarification of the abyssal amphipod, Paralicella tenuipes
Chevreux. Crustaceana 31(3):241–258 DOI 10.1163/156854076X00035.

Siebenaller J. 2010. Effects of the deep-sea environment on invertebrates. In: Sebert P, ed.
Comparative high pressure biology. Enfield: Science Publishers, 323–378.

Smith K, Brown A, Thatje S. 2015. The metabolic cost of developing under hydrostatic pressure:
experimental evidence supports macroecological pattern. Marine Ecology Progress Series
524:71–82 DOI 10.3354/meps11172.

Somero GN. 1992. Adaptations to high hydrostatic pressure. Annual Review of Physiology
54(1):557–577 DOI 10.1146/annurev.ph.54.030192.003013.

Somero GN, Siebenaller JF. 1979. Inefficient lactate dehydrogenases of deep-sea fishes.
Nature 282(5734):100–102 DOI 10.1038/282100a0.

Stebbing TRR. 1888. Report on the Amphipoda collected by the H.M.S. Challenger during the
years 1873–1876. Zoology 29:1–1737.

Thurston MH, Petrillo M, Della Croce N. 2002. Population structure of the necrophagous
amphipod Eurythenes gryllus (Amphipoda: Gammaridea) from the Atacama Trench (south-east
Pacific Ocean). Journal of the Marine Biological Association of the United Kingdom
82(2):205–211 DOI 10.1017/s0025315402005374.

Watling L, Guinotte JM, Clark MR, Smith C. 2013. A proposed biogeography of the deep ocean
floor. Progress in Oceanography 111:91–112 DOI 10.1016/j.pocean.2012.11.003.

Wenzhöfer F, Oguri K, Middelboe M, Turnewitsch R, Toyofuku T, Kitazato H. 2016.
Benthic carbon mineralization in hadal trenches: assessment by in situ O2 microprofile
measurements. Deep-Sea Research I: Oceanographic Research Papers 116:276–286
DOI 10.1016/j.dsr.2016.08.013.

Wolff T. 1960. The hadal community, an introduction. Deep Sea Research (1953) 6:95–124
DOI 10.1016/0146-6313(59)90063-2.

Wright DJ, Bloomer SH, MacLeod CJ, Taylor B, Goodlife AM. 2000. Bathymetry of the Tonga
Trench and Forearc: a map series. Marine Geophysical Researches 21(5):489–512.

Wilson et al. (2018), PeerJ, DOI 10.7717/peerj.5994 22/22

https://www.R-project.org/
http://dx.doi.org/10.1016/j.dsr.2015.08.014
http://dx.doi.org/10.1016/j.dsr.2016.11.006
http://dx.doi.org/10.1163/156854076X00035
http://dx.doi.org/10.3354/meps11172
http://dx.doi.org/10.1146/annurev.ph.54.030192.003013
http://dx.doi.org/10.1038/282100a0
http://dx.doi.org/10.1017/s0025315402005374
http://dx.doi.org/10.1016/j.pocean.2012.11.003
http://dx.doi.org/10.1016/j.dsr.2016.08.013
http://dx.doi.org/10.1016/0146-6313(59)90063-2
http://dx.doi.org/10.7717/peerj.5994
https://peerj.com/

	Bait-attending amphipods of the Tonga Trench and depth-stratified population structure in the scavenging amphipod Hirondellea dubia Dahl, 1959 ...
	Introduction
	Materials and Methods
	Results
	Discussion
	Conclusions
	flink6
	References



<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.4
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile (None)
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages false
  /ColorImageDownsampleType /Average
  /ColorImageResolution 300
  /ColorImageDepth 8
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages false
  /GrayImageDownsampleType /Average
  /GrayImageResolution 300
  /GrayImageDepth 8
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages false
  /MonoImageDownsampleType /Average
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000500044004600206587686353ef901a8fc7684c976262535370673a548c002000700072006f006f00660065007200208fdb884c9ad88d2891cf62535370300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef653ef5728684c9762537088686a5f548c002000700072006f006f00660065007200204e0a73725f979ad854c18cea7684521753706548679c300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /DAN <>
    /DEU <>
    /ESP <>
    /FRA <>
    /ITA <>
    /JPN <>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020b370c2a4d06cd0d10020d504b9b0d1300020bc0f0020ad50c815ae30c5d0c11c0020ace0d488c9c8b85c0020c778c1c4d560002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken voor kwaliteitsafdrukken op desktopprinters en proofers. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /PTB <>
    /SUO <>
    /SVE <>
    /ENU (Use these settings to create Adobe PDF documents for quality printing on desktop printers and proofers.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure true
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles true
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [612.000 792.000]
>> setpagedevice


